In 1978, Berry and Thompson showed that the amount of theta (3-8 Hz) activity in the spontaneous hippocampal EEG predicted learning rate in subsequent eyeblink conditioning in rabbits. More recently, the absence of theta activity during the training trial has been shown to have a detrimental effect on learning rate. Here, we aimed to further explore the relationship between theta activity and classical eyeblink conditioning by determining how the relative power of hippocampal theta activity [theta/(theta + delta) ratio] changes during both unpaired control and paired training phases. We found that animals with a higher hippocampal theta ratio immediately before conditioning learned faster and also that in these animals the theta ratio was higher throughout both experimental phases. In fact, while the hippocampal theta ratio remained stable in the fast learners as a function of training, it decreased in the slow learners already during unpaired training. In addition, the presence of hippocampal theta activity enhanced the hippocampal model of the conditioned response (CR) and seemed to be beneficial for CR performance in terms of peak latency during conditioning, but did not have any effect when the animals showed asymptotic learning. Together with earlier findings, these results imply that the behavioral state in which hippocampal theta activity is absent is detrimental for learning, and that the behavioral state in which hippocampal theta activity dominates is beneficial for learning, at least before a well-learned state is achieved.
Introduction
Theta oscillations (3-8 Hz neural activity) originating in the medial septum-diagonal band of Broca, the entorhinal cortex and the hippocampus (for a review see Buzsáki, 2002) have been linked to a host of cognitive processes (for reviews see Buzsáki, 2005; Hasselmo, 2005; Lisman, 2005; Vertes, 2005) . One of the most tangible pieces of evidence for the association of theta with learning was provided by Berry and Thompson (1978) , who showed that the amount of spontaneous hippocampal theta activity before training predicts learning rate during subsequent delay eyeblink conditioning in rabbits (for reviews see Berry, 1982; Berry, Seager, Asaka, & Borgnis, 2000; Berry, Weisz, & Mamounas, 1987) . This could suggest that ongoing oscillatory activity in the hippocampus reflects the animal's behavioral (Berry & Thompson, 1978) and motivational (Berry & Swain, 1989) state, determining, for example, the conditions for subsequent acquisition of a conditioned response. Furthermore, administration of conditioning trials in the presence of hippocampal theta activity facilitates the acquisition of the conditioned response (CR), especially in the early phases of learning (Asaka et al., 2005; Griffin, Asaka, Darling, & Berry, 2004; Seager, Johnson, Chabot, Asaka, & Berry, 2002) , as well as enhances the hippocampal model of the CR seen in multiple-unit activity (MUA) recordings (Berry & Swain, 1989; Griffin et al., 2004) . In addition, disruption of the functioning of the hippocampus is more detrimental to eyeblink conditioning than lesioning it (Allen, Padilla, &
